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Fig.10. Cast of S 1080.01
(NMB SA.M.2), Calorckosauri-
pus lazari. A. Orthofotograph of
the cast. B. Digital elevation and
false-colour model. C-E. Digital
elevation and false-colour mod-
el of individual manus-pes sets
(for location, see frames in B).
F. Manus mediotype generated
from LM17 (holotype) and LM19
(paratype). G. Pes mediotype
generated from LP17 (holotype)
and RP18 (paratype). Both tracks
figured as left. Contour-line inter-
val: 3 mm.



TITANOSAUR TRACKWAYS

Level CO 80 (Hippler, 2000) is a sandy limestone, contain-
ing up to 30% of quartz grains and marks a lake lowstand.
All the tracks occur as negative epichnia, sometimes still
filled with clay. The main track-bearing level (bold arrow
in Fig. 5) contains remains of catfish, turtles, gastropods,
ostracods and characeans and displays in some parts mud
cracks. A total of nine different morphotypes of dinosaur
tracks have been documented. Amongst those are large,
intermediate and small theropods, ornithopods of differ-
ent sizes, ankylosaurs and sauropods (e.g., McCrea et al.,
2001). First-hand observation allows the authors to separate
two different trackway types of sauropod dinosaurs, both
showing the basic morphology of a smaller rounded or kid-
ney-shape manus and a larger elongated or oval-shaped pes.

Morphotype E

This morphotype is rare with only 10 of the 120 sau-
ropod trackways on the wall attributable with certainty
to this type so far. Of the 10 trackways, 5 are pes-only
trackways with low preservation grade (maximum of
1.5 on Belvedere and Farlow, 2016 scale). Furthermore,
pes-dominated trackways can result from either a manus
failing to deform the substrate or from a pes overstepping
and obliterating the preceding manus print (Falkingham
et al., 2012). Therefore, the authors have chosen to leave
the ichnotaxonomic assignment of these tracks open, de-
spite their distinctiveness from all other known Late Cre-
taceous footprints and trackways.

Material: In situ trackways S 1260.01; S 1430.01;
S 1480.02; S 1520.01; S 1560.01. Figs 6, 7, 13, Appendix.

Description: Pes impressions are generally elliptical,
mostly longer than wide (average PL: 62.5 cm, and PW:
47.5 em; PL/PW: 1.3). Neither clear digit impression nor
claw marks are present, and the depth of the tracks is quite
uniform (Fig. 6). Pes tracks show a positive rotation of 45°.

Manus tracks are elliptical (Figs 6, 7), always wid-
er than long (average ML: 41.5 cm, and MW: 37.8 cm;
ML/MW: 1.1). No claw marks or digit impressions are pres-
ent. The manus impressions are strongly outward oriented.
The depth of the track is semi-homogeneous, with the exter-
nal side slightly deeper than the internal side.

Trackway heteropody is quite low, with the manus almost

the size of the pes, and varies between 1: 1.85 and 1: 2.2.
The gauge is narrow to intermediate, with a PTR of 25-36%
(Fig. 13, Appendix). Manus pes configuration is fairly con-
stant all along the trackways, with the manus generally lo-
cated in front of the pes, although some degree of variability
is possible.
Interpretation: The rounded pes morphology with no claw
marks or digit impressions points to a columnar manus that
is present in more derived titanosaurs. These characters cor-
respond well with the known skeletal record of advanced
titanosaurs in the Late Cretaceous of South America (Car-
ballido ef al., 2017) and points to a derived titanosaur as the
trackmaker. Glenoacetabular distance is difficult to meas-
ure exactly because not many trackways preserve enough
manus-pes sets, but is estimated to be ~ 3 m. Hip height
in S 1260.01 reaches 2.97 cm (Thulborn, 1990) and stride
averages at 2.40 m.
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SYSTEMATIC ICHNOLOGY

The second morphotype, initially identified as morpho-
type F (Meyer et al., 2018), is unique and shows some mor-
phological features, so far unknown in the Late Cretaceous
sauropod track record. As it differs quite remarkably from
all known sauropod trackways in the Late Cretaceous of
South America and elsewhere and is fairly well-preserved
morphologically (up to grade 2.5, following Belvedere and
Farlow, 2016), the authors have decided to erect a new ich-
notaxon and a new ichnospecies.

Ichnogenus Calorckosauripus ichnogen. nov.

Etymology: Ichnotaxon named after the type locality Cal
Orck’o, Sucre (Dep. Chuquisaca), Bolivia.
Calorckosauripus lazari ichnosp. nov.

Etymology: /azari (from Hebrew = God has helped; La-
zarus was the patron saint of gravediggers) because primi-
tive titanosaurs were thought to be extinct in the Late Cre-
taceous.

Type material: Holotype — trackway S 1080.01 (trackway
segment: cast and holotype NMB SA.M.2). Paratypes — pes
track RP 18 and manus track LM 19 (Fig. 10).

Repository: Natural History Museum of Basel (Switzer-
land) NMB SA.M.2

Additional material: /n situ trackways S 1080.02;
S 1150.01; S 1430.03; S1470.01 S 1480.01; S 1480.04;
S 1490.03; S 1490.04. Figs 8, 9, 10, 13.

Type horizon and locality: El Molino Formation (middle
Maastrichtian), Quarry of FANCESA, Cal Orck’o (Sucre,
Dep. Chuquisaca; Bolivia) Level 80 (Fig. 2).
Stratigraphic distribution: middle Maastrichtian (Late
Cretaceous)

Diagnosis: Pes tracks are entaxonic and always longer than
wide (average PL: 49 cm, and PW: 42; PL/PW: 1.6), but
with a shape that is variable from slightly elliptical to bell-
shaped, with a narrow “heel” and a wider anterior area. The
phalangeal region is generally the deepest part of the track
(e.g., Figs 8-10), although with a certain degree of variabil-
ity, due to locomotion- or sediment-related preservation is-
sues. Pes impressions are slightly rotated outward, with the
left pedes sometimes rotated to a higher angle (S1150.01:
17.5°) than the right (S1150.01: 7.5°). Digit impressions
are not present and only one of the tracks analysed (Fig. 8)
shows a deeper area that might correspond to digit I impres-
sion. Pes impressions are slightly rotated outward, with the
left pedes sometimes rotated by a higher angle (S1150.01:
17.5°) than the right (S1150.01: 7.5°).

Manus tracks are always wider than long (average ML:
34 cm, and MW: 29 cm; ML/MW: 1.17). When not (par-
tially) overprinted and deformed by the pes impression, the
manus is horseshoe-shaped, with two clear lobes correspond-
ing to digits [ and V. In Fig. 8, the lobes are fainter, with only
the one corresponding to digit I discernible. No claw marks
are present. Generally, manus tracks are outward rotated
(20-60°), with the deepest part of the track constantly on
the external side.

Trackway heteropody is marked, but not extreme (e.g.,
1: 1.85), with the manus being roughly half of the size of
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Fig. 11.

the pes. The gauge is wide/intermediate, with a PTR
that varies from 22-34%. Despite being highly variable,
trackways S1080.01 and S1080.02 show a trend, where-
by most of the manus tracks on the left side of the track-
way are impressed more internally than on the right side,
where the tracks are impressed more externally. The lat-
ter could be the results of walking on a palaeoslope along
the shoreline.

Glenoacetabular distance is fairly constant and estimat-

ed around 2.8 m. Hip height in S 1120.01 (type trackway)
reaches 2.24 ¢cm and stride averages at 2.29 m.
Remarks: Titanopodus mendozensis Gonzalez-Riga and
Calvo, 2009, has wide-gauge trackway, a high heteropody
(1:3), asymmetrical U-shaped manus tracks, subtriangular
to subcircular pes tracks with no digit impression. This ich-
notaxon differs from C. lazari for the trackway gauge, het-
eropody and general shape of manus and pes.

Sauropodichnus giganteus Calvo, 1991, has high het-
eropody (1:2.9) shows rounded pes impressions with no
details, U-shaped manus tracks with a concave posterior
border and no digit impressions. This ichnotaxon differs
from C. lazari, heteropody and general shape of manus
and pes.

Photograph of sectors 14701500, showing different crossing trackways of the morphotypes E (S 1560.01) and Calorckosauri-
pus lazari.

DISCUSSION

Late Cretaceous dinosaur track localities are known form
different parts of the world, notably from Spain (Schulp and
Bronx, 1999; Vila et al., 2008), Croatia (Dalla Vecchia et al.,
2001), Argentina (e.g., Diaz-Martinez et al., 2017) and Bo-
livia. Tracks and trackways of sauropods and titanosaurs, re-
spectively, have been described in some detail mainly from
Argentina and to a lesser extent from Bolivia (Novas, 2009).

The tracks and trackways from the Maastrichtian Tremp
Formation at Fumanya in the Spanish Pyrenees have been
studied in detail by Vila et al. (2005, 2013) and Oms et al.
(2016). The overall preservation is poor and details are rare-
ly seen (pers. obs.). Pes tracks have four laterally oriented
claw marks and no lateral notch. The symmetrical manus is
U-shaped and subrectangular. Their heteropody ratio is 1:3
(Fig. 13A). Neither the morphology nor the overall aspect
is similar to those of the sauropod tracks from Cal Orck’o.

Lockley et al. (2012) described partial sauropod track-
ways from the Campanian-Maastrichtian Chudo shales of
Sado island (South Korea). The manus is U-shaped posi-
tioned anterolaterally with no digit impressions, and the pes
prints show three laterally oriented claw marks. According
to the authors, the stance is slightly wide-gauge; however,
the trackway segment is too short to ascertain this (pers.
obs. C.M., 2007).



TITANOSAUR TRACKWAYS

Titanopodus mendozensis (Fig. 12B) from the Agua del
Choique locality (Loncoche Formation, late Campanian —
early Maastrichtian) exhibits a wide-gauge trackway and
high heteropody (1:3). The U-shaped manus is asymmet-
rical and has an acuminate external border. Pes tracks are
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rine titanosaur (14—16 m long). Morphology, heteropody
ratio (1:2) size and trackway pattern do not match with the
trackways presented here.

Sauropod tracks from the Candeleros Formation (Albian—
Aptian) on the shore of Lago Ezequiel Ramos Mexia (Neu-

quén, Argentina) also were reported by Calvo (1991, 1999),
Calvo and Salgado (1995) and Calvo and Mazetta (2004).
The trackway of Sauropodichnus giganteus (Fig. 12C) was
defined on the basis of several outline drawings, and unfor-

subtrinagular to subcircular in shape, digit impressions
are absent. The lack of manual phalangeal impressions led
Gonzalez-Riga and Calvo (2009) to the conclusion that the
trackmaker was a medium-sized saltasaurine or aeolosau-
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Fig. 12. Late Cretaceous Sauropod trackways. A. cf. Brontopodus, Tremp Formation (late Campanian — early Maastrichtian), Fuman-
ya, Spain (redrawn from Vila et al., 2013). B. Titanopodus mendozensis, Loncoche Formation (late Campanian — early Maastrichtian)
Agua del Choique, Mendoza, Argentina (redrawn from Gonzalez-Riga et al., 2009). C. Sauropodichnus giganteus, Rio Limay Formation
(Albian—Cenomanian), Picun Leufa, Neuquén, Argentina (redrawn from Calvo, 1999). D. Anacleto Formation, Agua del Choique (early
Campanian), Neuquén, Argentina (redrawn from Gonzalez-Riga et al., 2015). E. Chaunaca Formation (Campanian), Humaca, Bolvia (re-
drawn from Lockley et al., 2002a). F. Toro Toro Formation (Campanian), Toro Toro, Bolivia (redrawn from Leonardi, 1994). G. Yacoraite
Formation (Maastrichtian), Valle del Tonco, Salta, Argentina (redrawn from Diaz Martinez et al., 2017). H. El Molino Formation (Maas-
trichtian), Cal Orck’o, Bolivia, morphotype E, this paper. I. El Molino Formation (Maastrichtian), Cal Orck’o, Bolivia, Calorckosauripus

lazari (S 1080.1), this paper.
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Fig. 13. Trackway patterns of sauropods from Cal Orck’o. A—G: Calorckosauripus lazari. H-L: morphotype E. Solid dots — manus
prints; open circles — pes prints. Walking direction toward bottom of page.



TITANOSAUR TRACKWAYS

tunately without photographic documentation. The original
description (Calvo, 1991) shows the rounded outlines of
pedes with no details. Calvo and Mazetta (2004) illustrated
another trackway and compared it to the holotype, which
shows that the footprints are not well preserved. The larg-
est pes is triangular to rounded and the manus is U-shaped
(concave posterior border) without digit impressions. These
tracks compare in size to morphotype E from Cal Orck’o,
but differ substantially in the outline of the manus and re-
garding heteropody (1:2.9).

Gonzalez-Riga et al. (2015) reported dinosaur tracks
from the upper part of the Anacleto Formation (early Cam-
panian) from Agua del Choique (Malargiie, Mendoza,
Argentina). In level An-1, one sauropod trackway shows
a symmetrical, crescent-shaped manus impression with
“posterior concave contours”, which the authors interpret
as impressions of digits I and V. The subcircular pes is
longer than wide and exhibits claw impressions of digits
I to III, which are rotated inwards (Fig. 13D). Size, mor-
phology of the pes and the extreme outward rotation of
the manus of these tracks clearly differ from both morpho-
types in the present study.

The sauropod tracks from the Campanian Chanauca For-
mation at Humaca (Bolivia) (Fig. 12E) were left by juvenile
individuals (Lockley et al., 2002a). They show sometimes
faint, digital claw marks in the pes and rarely in the manus.
The heteropody index is very high (1:1.2). However, they
differ in the pes outline (triangular) and the presence of
a lateral notch and the inward rotation of the manus.

The Campanian Toro Toro tracksite (Toro Toro Forma-
tion) in Bolivia contains two sauropod trackways (Fig. 12F).
The tracks display thick mud rims, which indicate strong
deformation. Therefore the claw marks both in pes and
manus seem to be extramorphological features (Leonardi,
1989). Some of the pes tracks seem to have anteriorly-di-
rected claw impressions, and the manus impressions are
U-shaped, with possible traces of digits I and V. They dis-
play a high heteropody (1:1.6) and look similar to Calorcko-
sauripus. The Toro Toro tracks are much smaller in size and
the outline of the pes differs strongly in having an almost
trapezoidal outline. The lack of a detailed ichnological de-
scription of the Toro Toro site renders any additional com-
parison difficult.

Diaz-Martinez et al. (2017) described trackways from
the Yacoraite Formation (Maastrichtian—Danian) of Valle
del Tonco tracksite (Salta, north-western Argentina). The
trackway-bearing surface is found in the Amblayo Member,
the lower unit of the Yacoraite Formation in this area, and
is most probably a time equivalent of the surfaces in Cal
Orck’o (pers. obs.). The sauropod trackway is moderate-
ly well-preserved. The manus imprints are subrounded to
rectangular and show two short, posteriorly-oriented digit
imprints. The rhomboidal pes tracks are longer than wide,
with a subtriangular posterior edge and laterally located
digit-claw traces (Fig. 12G). These tracks share a similar
manus morphology with Calorckosauripus in having dis-
tinct digital marks, but the outward rotation of the manus
is much higher. However, their size as well as the outline of
the pes prints, including digit impressions, differs substan-
tially from both morphotypes at Cal Orck’o.

235

Several poorly-preserved tracks and trackways have been
reported from the Yacoraite Formation of Jujuy (Maimara,
Argentina) by Console-Gonella et al. (2017). These occur
on a trampled and weathered surface. The authors describe
manus imprints with a semi-circular outline and indicate
a heteropody ratio of 1:2. However, the state of preservation
and the lack of details in the morphology of the footprints
prevent a meaningful comparison with the ichnofauna at
Cal Orck’o.

An expanding global database and current understand-
ing of sauropod tracks challenges an earlier concept of
a temporal distribution of narrow- and wide-gauge sauro-
pod tracks (see Lockley et al., 1994). Furthermore, authors
have focused on other aspects, such as substrate properties,
ontogeny or behaviour, to explain differences in trackway
gauge (e.g., Marty, 2008; Marty et al., 2010a; Falkingham
et al., 2012). The examples from Cal Orck’o further chal-
lenge the concept of Lockley ef al. (1994), in that both sau-
ropod morphotypes exhibit narrow-gauge and wide-gauge
stance along the same trackway (Fig. 13). On the one hand,
some of the trackways clearly show that substrate properties
changed from wet to dry along a single trail without any
changes in trackway width, and thus implying that substrate
properties had no influence — or at least, not always — on the
basic pattern (Fig. 9). On the other hand, Falkingham et al.
(2012) concluded that the formation of manus-dominated
tracks requires a specific substrate and wide-gauge track-
ways can be formed in any track-bearing substrate.

One particular trackway of Calorckosauripus (S 1560.01;
Fig. 13) can be followed for more than 380 m and there-
fore is the longest sauropod trackway ever recorded (contra
Mazin et al., 2017). It exhibits an extremely narrow, if not
negative gauge, with almost no spacing between consecu-
tive pes tracks in some sections along the trackway; oth-
er sections show a wide-gauge pattern along curves with
more interspace between pes tracks. The observations of the
present authors of the long trackways that are preserved in
Cal Orck’o indicate that trackway gauge is most probably
subjected to speed and individual behaviour or locomotion
issues, such as turning or changes in direction, since long
and straight trackways exhibit a constant trackway gauge.
Similar observations in terms of trackway width have been
made in the Late Jurassic of Northern Switzerland, where
sauropod trackways display narrow- and wide-gauge pat-
terns within the same morphotype and along the same track-
way (Marty et al., 2010b; Paratte ef al., 2017). Moreover,
Castanera et al. (2012) presented a similar example from
the Cretaceous of Spain and suggested that substrate varia-
tions and the resulting change in walking resulted in chang-
ing trackway width (gauge) along the same trackway.

Ullmann et al. (2017) explained the differences in the
abduction/adduction of the hind limb between titanosauri-
forms and other sauropods with a different stance, wherein
greater hind limb abductive and adductive capability may
have been necessary to maintain stability during wide-gauge
locomotion over an uneven terrain. Mannion and Upchurch
(2010) found supporting evidence in the common occur-
rence of wide-gauge trackways and titanosaur body fossils
in fluvio-lacustrine deposits and suggested that sauropods
may have preferred inland environments that can present
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a wider range of topographic variability than most coast-
al carbonate platforms. However, the tracks of titanosaurs
have been found in many different environments and time
intervals, ranging from deltaic to fluvial and lacustrine set-
tings as well as in carbonate tidal flats. Therefore, the pres-
ent authors strongly doubt that there is a correlation between
palaeoenvironment, stability of locomotion and trackway

gauge.

CONCLUSIONS

Trackway gauge has often been used as an indicator of
presence/absence of basal or more derived sauropods. Ull-
mann et al. (2017) stated that the broadening of sacral width
and the varying shape of the femoral condyles have an effect
on the body gauge in sauropods, resulting in wider-gauge
trackways. This is also supported by the earlier work of
Wilson and Carrano (1999), who indicated that titanosaurs,
especially saltasaurids display a wide-gauge stance. These
authors also noted a complete absence of narrow-gauge
sauropod trackways in the Late Cretaceous. In this context,
it is remarkable that Salgado and Bonaparte (2007) noted
a complete absence of basal titanosaurians in the Campani-
an—Maastrichtian interval, at least in Patagonia.

Since titanosaurids are the only sauropods present dur-
ing the Campanian—Maastrichtian, the observations of the
authors indicate that trackway width may not — or may not
completely — correlate with the osteological characters of
the trackmaker’s skeleton (Meyer et al., 2018). Sauropod
trackways from Cal Orck’o demonstrate that narrow-, in-
termediate- and wide-gauge stances are present in both
morphotypes and along single trackways. Furthermore, the
presence of two morphotypes, morphotype E and Calorcko-
sauripus, indicates the coeval presence of a more basal and
a more derived titanosaur in the Late Cretaceous. This is
corroborated by the presence of tracks in the coeval Yaco-
raite Formation in the Valle del Tonco (Salta, Argentina)
that exhibit clear digit impressions in the manus imprints,
which are reminiscent of those of basal titanosaurine sau-
ropods (Diaz-Martinez et al., 2017). Furthermore, the pres-
ence of manus prints with digital impressions from the Toro
Toro Formation (Campanian) indicates that basal titano-
saurs were present during most of the Cretaceous in South
America.

The gauge variability shown by both morphotype an-
alysed here, combined with similar observation from the
Swiss Late Jurassic tracksites (Marty et al., 2010b; Paratte
et al., 2017), casts doubt on the use of this parameter for
trackmaker identification or as an ichnotaxonomical proxy,
as suggested by Lockley ef al. (1994). The ichnotaxonom-
ic assignment of wide-gauge trackways to the ichnotaxon
Brontopodus and narrow-gauge ones to Parabrontopodus
is, in the view of the present authors, no longer valid.

Neoichnological and ichnological studies by Marty et
al. (2009) and observations by the present authors on-site
indicate that the main track-bearing level was formed with-
in one hydrological cycle. Careful analysis of level 80 (the
main track-bearing level) reveals different generations of
mudcracks that seem to have formed after the tracks were
left. The different preservation of individual tracks along
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certain trackway segments indicates differences in moisture
content along the shoreline during track formation (Fig. 9).
Furthermore, all true tracks were left during the end phase
of the wet season, before the shoreline dried up completely.
Taphonomic observations on the vertebrate remains on the
surface show that turtle and fish remains occur dispersed
and are always completely disarticulated (single bones,
bony plates, scales, vertebrae). Collectively, these observa-
tions indicate that the main track-bearing level displays a
body and ichnofossil assemblage with a unique view into a
Late Cretaceous lacustrine ecosystem.

Cal Orck’o provides a rare window into the diversity
of dinosaurs in South America and documents individual
behaviour, as well as different types of locomotion (e.g.,
limping, stopping, spinning) and wide variations in locomo-
tion speed. Cal Orck’o is clearly an outstanding example,
not only in terms of outcrop size, number of footprints and
trackways, but also for preserving one of the most diverse
assemblage of Mesozoic dinosaur tracks in the world and
documenting the diversity of Gondwana dinosaurs in the
Late Cretaceous.

Supplementary data archiving

Supplementary 3D data for the holotype of C. lazari are availa-
ble on Figshare: https://doi.org/10.6084/m9.figshare.7172225.
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